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Abstract

Biodiversity-ecosystem functioning research is a major field in ecology. Currently research on
biodiversity and ecosystem functioning is shifting from focusing on species diversity to focus on
functional diversity. From this point of views species traits play a central role, because it is the
traits that determine how a species reacts to environmental change, and how this reaction
influences ecosystem functions. In this essay, | present an overview over the nature and
measurement of traits, and highlight examples of trait based approaches from different
ecosystems. Despite that there is an increasing numbers of studies dealing with this topic, there
is still confusion about the terminology of traits and functional groups. A new concept, dividing
species traits into response- and effect traits seems to be a promising step forward. So far,
focus has been placed on plants, because these are the most studied organisms in this field.
Some key plant traits, such as leaf dry matter content (LDMC) and specific leaf area (SLA), are
identified to be important factors determining species responses to environmental change, and
seem to affect ecosystem functioning. Although decomposition is an ecosystem function of
fundamental importance, the knowledge about soil communities is still limited. Despite that
they are known to have considerable effects on decomposition rates, soil animal traits are
rarely considered in decomposition studies. A change may, however be on its way, as the
interest of the role of soil animal traits recently seem to be increasing.



1 Introduction

In the face of current environmental change and high rates of species extinctions, there is a
growing concern about how to maintain ecosystem functions and services (Chapin et al. 2000).
Although there are accumulating evidences that biodiversity govern ecosystem function and
stability (Loreau et al. 2001; Hooper et al. 2005), the underlying mechanisms are still poorly
understood. Questions on how much biodiversity is necessary to maintain ecosystems and how

biodiversity is linked to ecosystem processes are of major priority for future well-being.

There is probably no single mechanism that could fully explain the observed relationship
between biodiversity and ecosystem functioning. Several hypotheses about the shape of the

relationship — from linear to idiosyncratic - have emerged during the last decades (fig.1)
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Figure 1 Some hypothetical trajectories of ecosystem function in relation to changes in biodiversity (re-drawn from
(Naeem et al. 2009))



One sub-discipline within Biodiversity and Ecosystem Functioning (BDEF) research deals with
the stability of ecosystem functioning and incorporates a temporal aspect. MacArthur (1955)
developed a mathematical model from which a linear relationship between diversity and
stability of energy flow is derived (MacArthur 1955). He found that more diverse communities
in terms of trophic interactions have a greater ability to maintain species abundances due to
the use of alternative energy paths. There is an enormous amount of literature dealing with the
relationship between biodiversity and temporal stability of certain ecosystem functions. Within
plant communities, evidence is accumulating for a positive relationship between species

diversity and temporal stability of biomass production (Tilman & Downing 1994).

The second sub-discipline has a more spatial point of view, and is related to the idea of the
niche concept. According to the “rivet hypothesis”, all species in a community are of equal
importance. A loss of few species causes minor changes, but if a certain threshold is exceeded
the ecosystem is collapsing (Ehrlich & Ehrlich 1981). Another possible explanation for the
relationship between biodiversity and ecosystem functioning is the concept of redundancy. It
assumes that there are species that are able to take over the function of lost species which
leads to compensation. Thus, a minimum of diversity is needed to maintain function, while all
other species are redundant. In addition, the insurance hypothesis states that the more
different species are in their traits the less species are needed to ensure function of the
ecosystems (Yachi & Loreau 1999). Dramatic decline in ecosystem function may occur also after

small losses of biodiversity if key species are lost.

In contrast to the above mentioned hypotheses, Lawton & Brown (1993) postulated that losses
of biodiversity may have unpredictable (idiosyncratic) consequences to ecosystem functioning
due to lost interactions among species(Lawton & Brown 1993). Within experiments a decline in
function following losses of biodiversity may also occur due to purely statistical reasons. With
high species diversity, there is a higher probability that the randomly assembled community
contains species important for a function. This type of effects are referred to as “sampling

effects” (Huston 1997).



A resource based explanation for a positive biodiversity-ecosystem functioning relationship is
represented by the complementarity effect (Loreau 1998). Resource partitioning and mutual

species interactions cause a more effective total resource use.

A recent conceptual innovation is termed multifunctionality. It was proposed independently in
two studies (Hector & Bagchi 2007; Gamfeldt et al. 2008). They state that the functional role of
biodiversity might have been underestimated because the importance of ecosystem functions
is usually considered one at the time. When more ecosystem processes were considered
simultaneously, they observed that higher species diversity was needed to maintain a minimum
rate of every process. Additionally, more species are needed if there is a lack of functional

overlap among species (Hector & Bagchi 2007; Gamfeldt et al. 2008).

Plants are the most intensively studied organisms in this research field so far. Most support for
a positive relationship between biodiversity and ecosystem functioning comes from studies of
grassland ecosystems and the function of biomass production/productivity (Tilman & Downing
1994; Hector et al. 1999). But the positive biodiversity-ecosystem functioning relationship does
by far not hold in every situation (Cardinale et al. 2000). Additionally, much less is known about

the relationship in other important ecosystems.

In soil ecosystems, evidence is lacking for a positive role of species diversity on ecosystem
functioning (Cragg & Bardgett 2001; Filser 2002). Despite the high biodiversity in soils, many
species appears to be functionally redundant, as the biodiversity-functioning curves saturates
already at relatively low diversity levels (Bardgett 2002). Hence, functional diversity and key
stone species seem to play more important roles for ecosystem functioning (Mikola & Setala
1998; Setala 2002). This suggests that BEF research in soil communities need to focus more on
diversity of functional traits than on species diversity. Currently, there is a general shift within
the scientific community towards such trait-based approaches. Species performance within
communities, and in relation to the environment, ultimately depends on the trait distribution
and abundance of individual species (Naeem & Wright 2003). Dividing species into functional
groups and comparing the performance of these groups with respect to a certain ecosystem

function is a widely applied approach.



Functional groups appear to be useful tools to understand general mechanisms of complex
systems, but difficulties to define and quantify these groups remains unsolved (Hooper et al.
2005). Moreover, multitrophic interactions, intraspecific variation (Reiss et al. 2009), and
feedbacks between below and aboveground communities (Bardgett 2002) are increasingly

considered to be important for ecosystem functioning.

In the following sections | intend to clarify the terms of functional diversity and traits, and shed
light on the difficulties of defining functional groups and measuring traits. Furthermore | will
give a general overview over trait-based concepts and approaches, which mainly stems from
plant studies. Finally | will specifically review the importance of traits in soil ecosystem

research, with emphasis on decomposition and soil animals.

2 Definitions

In general, a trait can be defined as surrogate of organismal performance, consisting of
morphological, physiological, and phenological characteristics of an organism (Violle et al.
2007). Because species-environment interactions are of major interest, knowledge about the
functional role of species and their interactions is required. In this respect functional traits can
be defined as those phenotypical components of an organism that influence ecosystem
properties or biogeochemical processes, and those that determine the response of an organism
to environmental conditions (Lavorel & Garnier 2002; Hooper et al. 2005). These two types of
functional traits are also referred to as effect- and response traits. There are different kinds of
response traits. They can be related to resource acquisition, tolerance to abiotic environmental
factors, or they can be linked to a species response to disturbance or to interactions with other
organisms. Reproduction rate of an animal for example varies with varying environmental
conditions such as temperature or moisture. Therefore it qualifies as response trait. A typical
effect trait could be the mouth part morphology of a soil animal because it determines the

comminution of plant litter and therefore influences decomposition.



It is also possible that a trait is both a response and effect trait. Feeding rate of a soil animal for
example is influenced by climatic factors (increases with increasing temperature) and influences

in turn the decomposition rate. Feeding rate is an example of both a response and effect trait.

It is also common to divide functional traits into hard and soft traits (Hodgson et al. 1999;
Weiher et al. 1999). Hard traits capture the actual function, whereas soft traits are surrogates
of the functions of interest that are easier to measure than the hard traits themselves. Dispersal
distance is an example for a hard trait. In case of plants, a corresponding soft trait for dispersal
distance could be seed mass. In the case of soil animals it could be leg length or mobility.
Species that possess a common set of functional traits can be clustered into functional groups
or functional types (Naeem & Wright 2003). The term functional diversity is commonly referred
to as “the value and range of those species and organismal traits that influence ecosystem

functioning” (Tilman 2001).

3 Difficulties in terminology and measurement of traits

Although trait-approaches are frequently used in ecological research consistency in the use of
terminology and the underlying concepts is currently lacking (Violle et al. 2007). In a literature
review Naeem & Wright (2003), critically look at the use of functional diversity in experiments.
They found that most studies used subjective schemes to, a priori, assign organisms to certain
functional groups based on e.g. life form or trophic position (Naeem & Wright 2003). Such
classifications usually do not consider if the selected groups are influencing ecosystem function.
This is the case when e.g. plants are classified according to their morphology (e.g. trees, shrubs,
herbs). A related problem lies in the nature of defining distinct functional groups. How much
should two species differ before they are classified as belonging to two groups? Boundaries
between groups are often set arbitrary. It is more likely that species are located along
continuous trait gradients rather than forming distinct groups (Hooper et al. 2005) depending
on biotic and abiotic factors. This implies that traits are context specific, which means that the
contribution of traits to community performance is likely to vary with environmental conditions

(Fox & Harpole 2008). Again the classification into functional types appears to be problematic.



The functional types recognized to be important for one ecosystem property may not have the
same importance in other ecosystem properties (Hooper et al. 2005). Species traits can also
differ between different life stages (Lavorel & Garnier 2002). A further complication is that
diversity effects on functioning may depend on the temporal scale of the study (Hillebrand &

Matthiessen 2009).

Petchey et al. (2010) mention six frequently used measures of functional diversity. The convex
hull volume or CHV determines the volume that covers a set of points (species) in n-
dimensional trait space (Cornwell et al. 2006). The FD,,, is the variance of trait values measured
by the sum of squared deviations from the weighted (by abundance) mean of the species
(Mason et al. 2003). Another group of measures use distance as measure of functional
diversity. Mean diversity (MD) (Heemsbergen et al. 2004) and functional attribute diversity
(FAD) (Walker et al. 1999), use the mean distance between species in a multivariate space.
Rao’s quadratic entropy (Q), uses pairs of species to calculate the sum of the product of their

distance and abundance (Botta-Dukat 2005).

FD (Petchey & Gaston 2002) and Podani and Schmera's modified FD termed FD,p (Podani &
Schmera 2006) are based on dendrograms where the functional diversity is measured as branch
length. In their simulation model, Petchey et al. (2010) showed that the different approaches all
resulted in similar estimates of functional diversity. Thus, they argue that for assessing the
importance of diversity, it is more important to focus on how many traits are important for the
particular function in question, than focusing on how to measure the diversity of traits. An
important issue, however, is that the different measures allow for different relationships
between species richness and functional diversity. This is caused by the different nature of the
measures. For example, the value of FD, CHV and the FDp, measures generally increase with
species richness, while the diversity value of the MD, Q and FD,,, measures can increase if a

species richness is decreased.



Table 1 Different measures of functional diversity. Some measures allow for an increase in functional diversity not
only when species diversity increases but also when species are lost. A “+” indicates that this is allowed and a “—*
indicates that it is not allowed for the specific measure.

increase with

measure based on .
species loss allowed

Volume in trait space

CHV -

Variance
FDyar +

Distance
MD +
FAD +
Q +

Dendrogram

FD -
FDip -

4 Plant trait approaches

4.1 The concept of response and effect traits

The concept of response- and effect traits (Lavorel & Garnier 2002) is currently receiving much
attention. Although studies identifying either traits relevant to responses or relevant to effects
are numerous, only a few studies have so far made the step to relate response and effect traits
(Walker et al. 1999; Engelhardt 2006; Quetier et al. 2007). Hence identification of key traits that
determine the response to environmental change, and their effects on different ecosystem
function, remains a challenge. Traits, such as growth rate and tissue life-span, mineral nutrient
concentration, defense against herbivores, and resistance to decomposition have been
suggested as promising candidates that may play a key role in driving ecosystem processes

(Diaz et al. 2004).



Community composition results from a hierarchical sorting process due to biotic and abiotic
constraints for species/traits persistence. According to the biomass ratio hypothesis the
relative importance of specific traits for ecosystem functioning is assumed to be proportional to
the biomass that represents the trait in question (Grime 1998; Diaz & Cabido 2001). However,
in many cases, a single trait, or a group of traits can be of disproportional large importance
(Lyons et al. 2005). Suding (2008) presents three types of possible relations between response
and effect. First, effect and response can correlate (or effect and response traits can be
identical), resulting in either positive or negative correlation between response and effect
traits. A negative correlation will occur if the traits that contribute most to the ecosystem
function also are the most sensitive to the environmental change. A positive relationship occurs
if the traits which are most sensitive to environmental change are less important for the
ecosystem function. Second, an overlap in response and effect could occur. This occurs when all
traits contribute equally to the ecosystem function, but differ in their reaction to environmental
change. This will result in insurance against diversity losses due to functional redundancy
(Lavorel & Garnier 2002). Third, there is the possibility of no correlation between response and
effect. This may occur if traits that relate to regeneration (fecundity, dispersal), which are not
considered important for ecosystem functioning, are the ones that respond most to the
changed environment (Lavorel & Garnier 2002; Suding et al. 2008). In addition, to make matter
even worse, interactions among species may result in large difference between the trait
performance identified for single species and the trait performance of the whole community

(Reiss et al. 2009).

Klumpp & Soussana (2009) performed a mathematical test of the framework developed by
Suding et al. (2008), and were able to demonstrate that changes in disturbance (grazing
intensity) caused changes in ecosystem function (aboveground productivity, C-flux), through
changes in certain traits (Klumpp & Soussana 2009). Root traits such as specific length, tissue
density, and diameter responded to change in disturbance, and had significant effects on C-

fluxes.



Regarding leaf traits, the functional divergence (distribution) of traits like specific leaf area (SLA)
and leaf dry matter content (LDMC), were affected by grazing, and predicted changes in
aboveground productivity and C-fluxes. This study confirms that theoretical framework, such as
the one presented by Suding et al. (2008), can be used for realistic scaling of effects from

species to communities, and thereby predict effects at the ecosystems.

4.2 Within-and among —community trait variation

Combining functional diversity with community assembly theory and ecological strategies by
dividing trait variation into within and among community components is another interesting
direction (Ackerly & Cornwell 2007) . In their framework Ackerly & Cornwell (2007), divide plant
trait diversity into an alpha- and a beta component, similar to Whittaker’s alpha and beta
diversity (Whittaker 1972). The beta determines a species’ position along a gradient of
community means of a trait. The alpha component is represented by the difference between a
species’ trait value and the beta value. The alpha value therefore measures how the traits of a
species differ from co-occuring species in a particular community. An advantage of this method
is that it can be applied even if no environmental data are available, because the ordination of
communities and species is based on trait values. They also show that the relationship among
traits can differ between different spatial scales. For example, a strong correlation can occur
among communities caused by a response to the same abiotic gradient, but these traits could
be uncorrelated at the “within-community level” where patterns are driven by co-occurance
mechanisms. To predict future changes in ecosystem function, it is necessary to scale up from

single species and individual ecosystems to the regional, landscape, and global scale.

5 Decomposition

Decomposition is fundamentally important for recycling of carbon and nutrients (Swift 1979)

because organic bound nutrients are converted into a mineral form and returned into the soil.



Litter decomposition rate is controlled by multiple factors, including environmental conditions
like temperature and precipitation (Trofymow et al. 2002), the chemical litter quality and the

decomposer community present (Cornelissen 1996; Aerts 1997).

5.1 Leaf litter traits influence decomposition

Differences in decomposition rate are often reported to be related to leaf litter traits such as
leaf toughness, C:N ratio C:lignin ratio, nitrogen, lignin, or polyphenol concentrations (Berg &
Staaf 1980; Perez-Harguindeguy et al. 2000). More recent studies emphasize the importance of
leaf mass per area (LMA), or leaf dry matter content (LDMC) (Kazakou et al. 2009). Although
climate creates similar conditions for litter decomposition within biomes, variation in
decomposition can be much larger within a climate region than between climate regions
(Cornwell et al. 2008). In a world-wide meta-analysis, Cornwell et al. (2008) identified species

specific traits as the predominant drivers of variation in decomposition rate.

Studies on the effect of different leaf litter mixtures on decomposition rate increased only
recently (Moore & Fairweather 2006; Pérez Harguindeguy et al. 2008). As for single species the
LDMC seems to play an important role in community assemblages, and turned out to be
negatively correlated to decomposability (Quested et al. 2007; Fortunel et al. 2009). Other
studies show that decomposition rates increases with increasing plant species diversity (Zimmer
2002), or increasing functional group diversity (Scherer-Lorenzen 2008), or increasing diversity
of chemical compounds (Meier & Bowman 2008). The majority of studies, so far, indicate a non-
additive effects of plant litter diversity on leaf litter decomposition (Gartner & Cardon 2004).
The most likely mechanism for such non-additive patterns involves a nutrient transfer from high
- to low quality leaves, which leads to an increased decomposability of the more recalcitrant

litter, either by leaching (Briones & Ineson 1996) or by fungal hyphae (Tiunov 2009).

Studies in compliance with the response and effect trait concept are still rare within the litter
decomposition literature. However, Fortunel et al. (2009), identified that certain leaf traits
(LDMC and leaf nitrogen content) captures the effect of land use change and climate, as well as

the effect on litter decomposability.
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5.2 The role of soil fauna in decomposition processes

Causes for the tremendous biodiversity in soil ecosystems are still poorly known. A possible
explanation is that competition is reduced through multi-dimensional niche partitioning (soil
heterogeneity, species differences in response to abiotic factors, starvation in unfavorable
conditions) (Bardgett 2002). In a global decomposition experiment, Wall et al. (2008) showed
that in addition to climate, soil animals play a fundamental role in regulating decomposition
rate. Soil animals mostly contribute to decomposition through litter fragmentation which
influences the microbial community. Although it is known that soil invertebrates have a large
impact on soil functioning (Lavelle et al. 2006) there are no consistent pattern concerning the
relationship between soil animal diversity and belowground process rates. It has been shown
that species diversity per se does not enhance below ground processes (Griffiths et al. 2000).
Such processes are rather assumed to be driven by functional group diversity, species identity
(Huhta et al. 1998) or functional dissimilarity among species (Heemsbergen et al. 2004).
Currently, there is a growing number of studies dealing with these questions. For example,
Hedde et al. (2007) identified functional groups of macro-arthropodes according to traits based
on their effect on beech leaf degradation. In a follow-up study Hedde et al. (2010) combined
morphological traits (body length, weight, comminution apparatus) and effect traits
(defaecation rate, C content, C:N ratio of faeces) to investigate the relationship between trait
dissimilarity and leaf degradation. In that study they found a positive relationship between
minimum trait dissimilarity and leaf mass loss. In a study examining the combined effect of
litter quality, elevated CO, and elevated temperature on feeding by the millipede Glomeris
marginata, Rouifed et al. (2010) demonstrated that the identity of litter species and feeding of
Glomeris marginata played a major role for litter mass loss (Rouifed et al. 2010). Another study
demonstrated that leaf litter mass loss and soil respiration is positively correlated with a high

functional dissimilarity of the macrofauna (Heemsbergen et al. 2004).
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6 Conclusions and Perspectives

Species traits are shown to play a key role for ecosystem functioning. They determine species’
reaction to a changing environment, which can lead to an altered community composition.
Such changes can potentially influence key ecosystem functions. This means that species traits
are the link between the response of species to the environment and their effect on ecosystem
functioning. Facing current environmental change many ecosystem functions and services are
seriously threatened. Trait based approaches dealing with biodiversity-ecosystem functioning
relationships have therefore become a major subject in modern ecology research. A future task
will be to get a more mechanistic insight into the role of traits. A useful contribution is to
determine key traits and establish trait databases for different organism groups. Although a
growing body of research is focusing on trait-based questions results are still biased towards
plants in terrestrial ecosystems in contrast to other organisms and ecosystems. Concerning the

lack of consistent terminology major improvements can be seen in the recent development.

As decomposition is of crucial importance for nutrient cycling and an important part in the C-
cycle more emphasis should be placed on factors influencing decomposition rates. As for other
ecosystem functions the decomposition research with respect to traits is still biased to studies
on leaf litter traits combined with climatic parameters. Soil animals are often ignored although
they can have profound direct- and indirect effects on decomposition. Hence, | argue that they

should be included in future decomposition models and experiments.

12



Literature

Ackerly D.D. & Cornwell W.K. (2007). A trait-based approach to community assembly:
partitioning of species trait values into within- and among-community components.
Ecology Letters, 10, 135-145.

Aerts R. (1997). Climate, leaf litter chemistry and leaf litter decomposition in terrestrial
ecosystems: A triangular relationship. Oikos, 79, 439-449.

Bardgett R.D. (2002). Causes and consequences of biological diversity in soil. Zoology, 105, 367-
374.

Berg B. & Staaf H. (1980). Decomposition rate and chemical changes of Scots pine needle litter.
II. Influence of chemical composition. Ecological Bulletins, 32, 373-390.

Botta-Dukat Z. (2005). Rao's quadratic entropy as a measure of functional diversity based on
multiple traits. Journal of Vegetation Science, 16, 533-540.

Briones M.J.I. & Ineson P. (1996). Decomposition of eucalyptus leaves in litter mixtures. Soil
Biology & Biochemistry, 28, 1381-1388.

Cardinale B.J., Nelson K. & Palmer M.A. (2000). Linking species diversity to the functioning of
ecosystems: on the importance of environmental context. Oikos, 91, 175-183.

Chapin F.S., Zavaleta E.S., Eviner V.T., Naylor R.L., Vitousek P.M., Reynolds H.L., Hooper D.U.,
Lavorel S., Sala O.E., Hobbie S.E., Mack M.C. & Diaz S. (2000). Consequences of changing
biodiversity. Nature, 405, 234-242.

Cornelissen J.H.C. (1996). An experimental comparison of leaf decomposition rates in a wide
range of temperate plant species and types. Journal of Ecology, 84, 573-582.

Cornwell W.K., Cornelissen J.H.C., Amatangelo K., Dorrepaal E., Eviner V.T., Godoy O., Hobbie
S.E., Hoorens B., Kurokawa H., Perez-Harguindeguy N., Quested H.M., Santiago L.S.,
Wardle D.A., Wright |.J., Aerts R., Allison S.D., van Bodegom P., Brovkin V., Chatain A.,
Callaghan T.V., Diaz S., Garnier E., Gurvich D.E., Kazakou E., Klein J.A., Read J., Reich P.B.,
Soudzilovskaia N.A., Vaieretti M.V. & Westoby M. (2008). Plant species traits are the
predominant control on litter decomposition rates within biomes worldwide. Ecology
Letters, 11, 1065-1071.

Cornwell W K., Schwilk D.W. & Ackerly D.D. (2006). A trait-based test for habitat filtering:
Convex hull volume. Ecology, 87, 1465-1471.

Cragg R.G. & Bardgett R.D. (2001). How changes in soil faunal diversity and composition within
a trophic group influence decomposition processes. Soil Biology & Biochemistry, 33,
2073-2081.

Diaz S. & Cabido M. (2001). Vive la difference: plant functional diversity matters to ecosystem
processes. Trends in Ecology & Evolution, 16, 646-655.

Diaz S., Hodgson J.G., Thompson K., Cabido M., Cornelissen J.H.C., Jalili A., Montserrat-Marti G.,
Grime J.P., Zarrinkamar F., Asri Y., Band S.R., Basconcelo S., Castro-Diez P., Funes G.,
Hamzehee B., Khoshnevi M., Perez-Harguindeguy N., Perez-Rontome M.C., Shirvany
F.A., Vendramini F., Yazdani S., Abbas-Azimi R., Bogaard A., Boustani S., Charles M.,
Dehghan M., de Torres-Espuny L., Falczuk V., Guerrero-Campo J., Hynd A., Jones G.,
Kowsary E., Kazemi-Saeed F., Maestro-Martinez M., Romo-Diez A., Shaw S., Siavash B.,

13



Villar-Salvador P. & Zak M.R. (2004). The plant traits that drive ecosystems: Evidence
from three continents. Journal of Vegetation Science, 15, 295-304.

Ehrlich P.R. & Ehrlich A.H. (1981). Extinction: The Causes and Consequences of the
Disappearance of Species. Random House, New York.

Engelhardt K.A.M. (2006). Relating effect and response traits in submersed aquatic
macrophytes. Ecological Applications, 16, 1808-1820.

Filser J. (2002). The role of Collembola in carbon and nitrogen cycling in soil. Pedobiologia, 46,
234-245,

Fortunel C., Garnier E., Joffre R., Kazakou E., Quested H., Grigulis K., Lavorel S., Ansquer P.,
Castro H., Cruz P., Dolezal J., Eriksson O., Freitas H., Golodets C., Jouany C., Kigel J.,
Kleyer M., Lehsten V., Leps J., Meier T., Pakeman R., Papadimitriou M., Papanastasis
V.P., Quetier F., Robson M., Sternberg M., Theau J.P., Thebault A. & Zarovali M. (2009).
Leaf traits capture the effects of land use changes and climate on litter decomposability
of grasslands across Europe. Ecology, 90, 598-611.

Fox J.W. & Harpole W.S. (2008). Revealing how species loss affects ecosystem function: The
trait-based price equation partition. Ecology, 89, 269-279.

Gamfeldt L., Hillebrand H. & Jonsson P.R. (2008). Multiple functions increase the importance of
biodiversity for overall ecosystem functioning. Ecology, 89, 1223-1231.

Gartner T.B. & Cardon Z.G. (2004). Decomposition dynamics in mixed-species leaf litter. Oikos,
104, 230-246.

Griffiths B.S., Ritz K., Bardgett R.D., Cook R., Christensen S., Ekelund F., Sorensen S.J., Baath E.,
Bloem J., de Ruiter P.C., Dolfing J. & Nicolardot B. (2000). Ecosystem response of pasture
soil communities to fumigation-induced microbial diversity reductions: an examination
of the biodiversity-ecosystem function relationship. Oikos, 90, 279-294.

Grime J.P. (1998). Benefits of plant diversity to ecosystems: immediate, filter and founder
effects. Journal of Ecology, 86, 902-910.

Hector A. & Bagchi R. (2007). Biodiversity and ecosystem multifunctionality. Nature, 448, 188-
U6.

Hector A., Schmid B., Beierkuhnlein C., Caldeira M.C., Diemer M., Dimitrakopoulos P.G., Finn
J.A., Freitas H., Giller P.S., Good J., Harris R., Hogberg P., Huss-Danell K., Joshi J.,
Jumpponen A., Korner C., Leadley P.W., Loreau M., Minns A., Mulder C.P.H., O'Donovan
G., Otway S.J., Pereira J.S., Prinz A., Read D.J., Scherer-Lorenzen M., Schulze E.D.,
Siamantziouras A.S.D., Spehn E.M., Terry A.C., Troumbis A.Y., Woodward F.l., Yachi S. &
Lawton J.H. (1999). Plant diversity and productivity experiments in European grasslands.
Science, 286, 1123-1127.

Hedde M., Bureau F., Akpa-Vinceslas M., Aubert M. & Decaens T. (2007). Beech leaf
degradation in laboratory experiments: Effects of eight detritivorous invertebrate
species. Applied Soil Ecology, 35, 291-301.

Hedde M., Bureau F., Chauvat M. & Decaens T. (2010). Patterns and mechanisms responsible
for the relationship between the diversity of litter macro-invertebrates and leaf
degradation. Basic and Applied Ecology, 11, 35-44.

Heemsbergen D.A., Berg M.P., Loreau M., van Haj J.R., Faber J.H. & Verhoef H.A. (2004).
Biodiversity effects on soil processes explained by interspecific functional dissimilarity.
Science, 306, 1019-1020.

14



Hillebrand H. & Matthiessen B. (2009). Biodiversity in a complex world: consolidation and
progress in functional biodiversity research. Ecology Letters, 12, 1405-1419.

Hodgson J.G., Wilson P.J., Hunt R., Grime J.P. & Thompson K. (1999). Allocating C-S-R plant
functional types: a soft approach to a hard problem. Oikos, 85, 282-294.

Hooper D.U., Chapin F.S., Ewel J.J., Hector A, Inchausti P., Lavorel S., Lawton J.H., Lodge D.M,,
Loreau M., Naeem S., Schmid B., Setala H., Symstad A.J., Vandermeer J. & Wardle D.A.
(2005). Effects of biodiversity on ecosystem functioning: A consensus of current
knowledge. Ecological Monographs, 75, 3-35.

Huhta V., Persson T. & Setala H. (1998). Functional implications of soil fauna diversity in boreal
forests. Applied Soil Ecology, 10, 277-288.

Huston M.A. (1997). Hidden treatments in ecological experiments: Re-evaluating the ecosystem
function of biodiversity. Oecologia, 110, 449-460.

Kazakou E., Violle C., Roumet C., Pintor C., Gimenez O. & Garnier E. (2009). Litter quality and
decomposability of species from a Mediterranean succession depend on leaf traits but
not on nitrogen supply. Annals of Botany, 104, 1151-1161.

Klumpp K. & Soussana J.F. (2009). Using functional traits to predict grassland ecosystem
change: a mathematical test of the response-and-effect trait approach. Global Change
Biology, 15, 2921-2934.

Lavelle P., Decaens T., Aubert M., Barot S., Blouin M., Bureau F., Margerie P., Mora P. & Rossi
J.P. (2006). Soil invertebrates and ecosystem services. European Journal of Soil Biology,
42,53-S15.

Lavorel S. & Garnier E. (2002). Predicting changes in community composition and ecosystem
functioning from plant traits: revisiting the Holy Grail. Functional Ecology, 16, 545-556.

Lawton J.H. & Brown V.K. (1993). Redundancy in Ecosystems. In: Biodiversity and Ecosystem
Functioning (eds. E.-D. S & Mooney HA). Springer Berlin, pp. 534-552.

Loreau M. (1998). Biodiversity and ecosystem functioning: A mechanistic model. Proceedings of
the National Academy of Sciences of the United States of America, 95, 5632-5636.

Loreau M., Naeem S., Inchausti P., Bengtsson J., Grime J.P., Hector A., Hooper D.U., Huston
M.A., Raffaelli D., Schmid B., Tilman D. & Wardle D.A. (2001). Ecology - Biodiversity and
ecosystem functioning: Current knowledge and future challenges. Science, 294, 804-808.

Lyons K.G., Brigham C.A., Traut B.H. & Schwartz M.W. (2005). Rare species and ecosystem
functioning. Conservation Biology, 19, 1019-1024.

MacArthur R. (1955). Fluctuations of animal populations, and a measure of community stability.
Ecology, 36, 533-536.

Mason N.W.H., MacGillivray K., Steel J.B. & Wilson J.B. (2003). An index of functional diversity.
Journal of Vegetation Science, 14, 571-578.

Meier C.L. & Bowman W.D. (2008). Links between plant litter chemistry, species diversity, and
below-ground ecosystem function. Proceedings of the National Academy of Sciences of
the United States of America, 105, 19780-19785.

Mikola J. & Setala H. (1998). Relating species diversity to ecosystem functioning: mechanistic
backgrounds and experimental approach with a decomposer food web. Oikos, 83, 180-
194.

15



Moore T.N. & Fairweather P.G. (2006). Decay of multiple species of seagrass detritus is
dominated by species identity, with an important influence of mixing litters. Oikos, 114,
329-337.

Naeem S., Bunker D.E., Hector A., Loreau M. & Perrings C. (2009). In: Biodiversity, Ecosystem
Functioning, & Human Wellbeing - an ecological and economic perspective (eds. Naeem
S, Bunker DE, Hector A, Loreau M & Perrings C). Oxford University Press, pp. 3-13.

Naeem S. & Wright J.P. (2003). Disentangling biodiversity effects on ecosystem functioning:
deriving solutions to a seemingly insurmountable problem. Ecology Letters, 6, 567-579.

Perez-Harguindeguy N., Diaz S., Cornelissen J.H.C., Vendramini F., Cabido M. & Castellanos A.
(2000). Chemistry and toughness predict leaf litter decomposition rates over a wide
spectrum of functional types and taxa in central Argentina. Plant and Soil, 218, 21-30.

Pérez Harguindeguy N., Blundo C., Gurvich D., Diaz S. & Cuevas E. (2008). More than the sum of
its parts? Assessing litter heterogeneity effects on the decomposition of litter mixtures
through leaf chemistry. Plant and Soil, 303, 151-159.

Petchey O.L. & Gaston K.J. (2002). Functional diversity (FD), species richness and community
composition. Ecology Letters, 5, 402-411.

Podani J. & Schmera D. (2006). On dendrogram-based measures of functional diversity. Oikos,
115, 179-185.

Quested H., Eriksson O., Fortunel C. & Garnier E. (2007). Plant traits relate to whole-community
litter quality and decomposition following land use change. Functional Ecology, 21,
1016-1026.

Quetier F., Thebault A. & Lavorel S. (2007). Plant traits in a state and transition framework as
markers of ecosystem response to land-use change. Ecological Monographs, 77, 33-52.

Reiss J., Bridle J.R., Montoya J.M. & Woodward G. (2009). Emerging horizons in biodiversity and
ecosystem functioning research. Trends in Ecology & Evolution, 24, 505-514.

Rouifed S., Handa I.T., David J.F. & Hattenschwiler S. (2010). The importance of biotic factors in
predicting global change effects on decomposition of temperate forest leaf litter.
Oecologia, 163, 247-256.

Scherer-Lorenzen M. (2008). Functional diversity affects decomposition processes in
experimental grasslands. Functional Ecology, 22, 547-555.

Setala H. (2002). Sensitivity of ecosystem functioning to changes in trophic structure, functional
group composition and species diversity in belowground food webs. Ecological
Research, 17, 207-215.

Suding K.N., Lavorel S., Chapin F.S., Cornelissen J.H.C., Diaz S., Garnier E., Goldberg D., Hooper
D.U., Jackson S.T. & Navas M.L. (2008). Scaling environmental change through the
community-level: a trait-based response-and-effect framework for plants. Global
Change Biology, 14, 1125-1140.

Swift M.J. (1979). Decomposition in terrestrial ecosystems. Blackwell, Oxford.

Tilman D. (2001). Functional diversity. In: Encyclopedia of Biodiversity (ed. Levin SA). Academic
Press San Diego, CA, pp. 109-120.

Tilman D. & Downing J.A. (1994). Biodiversity and stability in grasslands. Nature, 367, 363-365.

Tiunov A.V. (2009). Particle size alters litter diversity effects on decomposition. Soil Biology &
Biochemistry, 41, 176-178.

16



Trofymow J.A., Moore T.R., Titus B., Prescott C., Morrison I., Siltanen M., Smith S., Fyles J., Wein
R., CamirT C., Duschene L., Kozak L., Kranabetter M. & Visser S. (2002). Rates of litter
decomposition over 6 years in Canadian forests: influence of litter quality and climate.
Canadian Journal of Forest Research-Revue Canadienne De Recherche Forestiere, 32,
789-804.

Walker B., Kinzig A. & Langridge J. (1999). Plant attribute diversity, resilience, and ecosystem
function: The nature and significance of dominant and minor species. Ecosystems, 2, 95-
113.

Wall D.H., Bradford M.A., John M.G.S., Trofymow J.A., Behan-Pelletier V., Bignell D.D.E.,
Dangerfield J.M., Parton W.J., Rusek J., Voigt W., Wolters V., Gardel H.Z., Ayuke F.O.,
Bashford R., Beljakova O.l., Bohlen P.J., Brauman A., Flemming S., Henschel J.R., Johnson
D.L., Jones T.H., Kovarova M., Kranabetter J.M., Kutny L., Lin K.C., Maryati M., Masse D.,
Pokarzhevskii A., Rahman H., Sabara M.G., Salamon J.A., Swift M.J., Varela A.,
Vasconcelos H.L., White D. & Zou X.M. (2008). Global decomposition experiment shows
soil animal impacts on decomposition are climate-dependent. Global Change Biology,
14, 2661-2677.

Weiher E., van der Werf A., Thompson K., Roderick M., Garnier E. & Eriksson O. (1999).
Challenging Theophrastus: A common core list of plant traits for functional ecology.
Journal of Vegetation Science, 10, 609-620.

Whittaker R.H. (1972). Evolution and Measurement of Species Diversity. Taxon, 21, 213-251.

Violle C., Navas M.L., Vile D., Kazakou E., Fortunel C., Hummel I. & Garnier E. (2007). Let the
concept of trait be functional! Oikos, 116, 882-892.

Yachi S. & Loreau M. (1999). Biodiversity and ecosystem productivity in a fluctuating
environment: The insurance hypothesis. Proceedings of the National Academy of
Sciences of the United States of America, 96, 1463-1468.

Zimmer M. (2002). Is decomposition of woodland leaf litter influenced by its species richness?
Soil Biology & Biochemistry, 34, 277-284.

17



Introductory Research Essays

Department of Ecology, SLU,

=

10.

11
12

13

14

Fedrowitz, K. 2008. Epiphyte metacommunity dynamics.

Johansson, V. 2008. Metapopulation dynamics of epiphytes in a landscape
of dynamic patches.

Ruete, A. 2008. Beech epiphyte persistence under a climate change
scenario: a metapopulation approach.

Schneider, N. 2008. Effects of climate change on avian life history and
fitness.

Berglund, Linnea. 2008. The effect of nitrogen on the decomposition
system.

Lundstrom, Johanna. 2008. Biodiversity in young versus old forest.
Hansson, Karna. 2008. Soil Carbon Sequestration in Pine, Spruce and
Birch stands.

Jonasson, Dennis. 2009. Farming system transitions, biodiversity change
and ecosystem services.

Locke, Barbara. 2010. Sustainable Tolerance of Varroa destructor by the
European honey bee Apis mellifera.

Karvemo, Simon. 2010. Population dynamics of tree-killing bark beetles
— a comparison of the European spruce bark beetle and the North
American mountain pine beetle.

. Jeppsson, Tobias. 2010. Stochasticity in the extinction process.
. Oberg, Meit. 2010. Adaptations to a world in change: phenological

responses of long-distance migratory birds to a warming climate.
Rubene, Diana. 2010. Can forest management with clear-cutting
resemble a natural fire-disturbance regime and sustain biodiversity?
Fedderwitz, Frauke. 2010. Pine weevil feeding behavior in relation to
conifer seedling properties.



